How primates learn to recognise the predatory species from their animate world is a largely unresolved problem. We conducted predator encounter experiments with wild Guereza colobus monkeys of the Sonso area of Budongo Forest, Uganda. The monkeys are hunted by crowned eagles and chimpanzees, but not leopards, which have been locally extinct for decades. Despite their unfamiliarity with this predator, monkeys reliably produced appropriate anti-predator behaviour to leopards, which was indistinguishable from that of a neighbouring population, where leopards are present. In both populations, monkeys produced the same vocal responses and predator-specific alarm calls, although leopard-naïve monkeys were more inclined to approach when hearing a leopard than monkeys that were familiar with this predator. Control experiments showed that the monkeys' response pattern was not due to the effects of unfamiliarity or conspicuousness of the experimental stimuli. Natural selection appears to have endowed these primates with a cognitive capacity to recognise direct signs of leopard presence as inherently dangerous requiring specific anti-predator responses.
Introduction
Predation is one of the selective forces that have shaped the evolution of animal behaviour. For primates in particular, leopard and snake predation have been implicated as important selection pressures shaping their cognitive capacities and behaviour (Zuberbühler & Jenny, 2002; Isbell, 2006) . Many primate species possess specialised anti-predator techniques that enable them to cope with their predators and control mortality risks. One such technique is the production of alarm calls. Alarm calls can be beneficial for a caller in a variety of ways, for example by interfering with a predator's hunting behaviour and by warning individuals valuable to the caller (Zuberbühler, in press). Often, animals produce more than one alarm call type when interacting with different predator types. In some cases, this allows receivers to select the most appropriate anti-predator response by inferring the type of predator the caller has encountered (e.g., Seyfarth et al., 1980; Slobodchikoff et al., 1991; Zuberbühler, 2000 Zuberbühler, , 2001 Kirchhoff & Hammerschmidt, 2006) .
Alarm calls are not adaptive in all circumstances, however, particularly when interacting with predators that do not rely on ambush. Predatory chimpanzees (Pan troglodytes), for example, are capable of pursuing monkeys through the canopy, and an adaptive strategy to these predators is to remain vocally and visually cryptic (Zuberbühler et al., 1997) . Rapid and accurate predator recognition lies at the core of these decisions, and natural selection should favour mechanisms that facilitate this process.
Three basic processes may be at work in helping individuals to respond appropriately to predators. Firstly, prey animals may possess an inherited predisposition to respond to certain animals with anti-predator behaviour. This type of mechanism should be common in solitary species where individuals are unable to benefit from social learning. However, empirical evidence for this mechanism also exists for social species in the form of individuals displaying appropriate anti-predator behaviour in the absence of any prior predator experience (Vitale et al., 1991; Brown et al., 1992; Coss & Ramakrishnan, 2000; Barros et al., 2002) . For example, snake models trigger appropriate anti-snake behaviour in predator-naïve tufted capuchins (Cebus apella) and crab-eating macaques (Macaca fascicularis; Vitale et al., 1991) , and, similarly, felid predator models can induce anti-predator behaviour in captive-born black tufted-eared marmosets (Callithrix pencillata; Barros et al., 2002) and bonnet macaques (Macaca radiata; Coss & Ramakrishnan, 2000) .
Secondly, predator-naïve animals may not accurately recognise a predator on their first encounter (Yorzinski & Ziegler, 2007; Friant et al., 2008) , but they may be equipped with a particularly efficient learning mechanism, which allows them to learn the features of different predator types with a small number of trials, either by experiencing a direct interaction or by witnessing the anti-predator behaviour of others (Griffin et al., 2000; Berger et 
